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Abstract: Here, we reviewed both endogenous and exogenous factors involved in the processes
of flower bud formation and flower development in peach, analyzing how they can be affected
by climatic change in temperate zones, explored the expansion of peach to tropical or subtropical
zones. The process of flower bud formation in peach differs between low winter chilling and
temperate conditions. Although the main steps of flower development are maintained, the timing
in which each one occurs is different, and some processes can be altered under low winter chilling
conditions, with a great impact on fruit production and crop management. Further studies on flower
bud induction and differentiation under warmer conditions are fundamental for addressing the
alterations in flower bud development that negatively impact on next season’s harvest. In the future,
horticulturalists and scientists will face several challenges, mainly how high temperatures affect the
expression of the main genes regulating flower formation and how to improve crop management in
these conditions.
Keywords: climate change; morphogenesis; Prunus persica; flower induction; flower differentiation;
warm climate; tree phenology
1. Introduction
Peach (Prunus persica (L.) Batsch) is one of the most economically important temperate zone fruit
trees worldwide, with more than 39 million produced on 2.3 million ha. The main producing countries
are China (more of 14 million t from 780,000 ha), Spain (1.8 million t from 84,000 ha), Italy (1.2 million t
from 67,000 ha), and Greece (0.9 million t from 44,000 ha). The highest yields are obtained in Jordan
(25 t/ha), France (23 t/ha), Greece (22.8 t/ha), and Spain (21.3 t/ha) [1].
The lower availability of winter chilling in some temperate regions has caused irregular
flowering and smaller and more variable production, with lower fruit quality [2–4]. Likewise,
peach tree cultivation is expanding to subtropical and tropical regions. Thus, 19 of the 58 countries
producing more than 10,000 t/year have some subtropical or tropical areas with low winter chilling
accumulation. The expansion of new areas allows the prospect of an increase in world production
in the future [5–7]. However, some of these areas have little winter chilling, and some of them
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have previously been considered marginal, presenting cultivation limitations mainly due to the
lack of winter chilling but also due to the instability of environmental conditions among years and
locations [8,9]. Such characteristics may cause high yield oscillations hindering the agroclimatic zoning
for new cultivars. However, some of these new areas have great potential for peach growing from an
economic point of view, because their climatic conditions can provide early production in strategic
seasons when there is a low supply of fruits, but there is a lack of information about peach cultivation
under these conditions.
Peach tree developmental stages most affected under subtropical and tropical conditions are
dormancy and dormancy break, resulting in alterations of flowering and effective fruiting, along with
branch growth and development [10,11]. The formation of buds may also be affected, especially flower
buds, which often are not fully formed, and these undeveloped flower buds form “blind nodes” [12–15].
The alterations in flower bud formation may cause lack of yield in the following season [16].
Different strategies have been used to expand peach cultivation to subtropical and tropical zones
with low winter chilling accumulation, including the introduction of new low-chilling cultivars from
breeding programs [17], and the use of cultural practices such as the application of dormancy breaking
agents, e.g., hydrogen cyanamide, and hydric deficit [6,13,18–21]. However, problems regarding fruit
set and production stability persist, possibly because they are associated with inadequate flower
formation resulting from alterations during the different phases of flower development [9].
Understanding the factors controlling the formation of buds, such as the flower induction,
initiation, and differentiation stages, is fundamentally important to search for effective solutions to
these production problems as well as to support breeding programs and cultivation management [22,23].
Information on the bud formation process and its interactions with the environment is still unclear
in peach and other temperate fruit species, especially when grown in subtropical and tropical
climate regions.
Knowledge about the process of peach floral bud formation under these new conditions will
provide a basis for solving future problems in temperate regions, recognizing the current climate
change scenario [24–27]. Although several works have reported information about the process of floral
bud development in peach and other Prunus species in warmer regions other than the traditional ones
in Europe, there is little information about this process under tropical conditions such as those existing
in different production regions in Brazil. The objective of this review is to provide information on the
factors that interact with flower bud formation in peach under reduced winter chilling conditions.
2. Formation of Buds
Flower and vegetative buds in peach are formed on one-year-old branches where the plant growth
has occurred over the previous growth cycle [28]. Therefore, all biotic and abiotic interactions that
occur during this period may affect the formation of buds in the subsequent cycle.
Vegetative buds assure the survival of the plant once branches and leaves are formed which
supply assimilates to the other plant structures [29–31]. In turn, flower buds produce flowers and
fruits. Development of floral buds in peach takes place during several months from midsummer of the
previous year to flowering in the following spring. Flower buds are located in the petiole axils (Figure 1a),
and their differentiation starts during the vegetative growth period (Figure 1b). Flower differentiation
is completed before winter dormancy (Figure 1c), which culminates with budbreak and anthesis
(Figure 1d). Each vegetative bud is usually flanked by a pair of flower buds (Figure 1c,d), although
this distribution may vary depending on the branch and the cultivar [30,32]. Vegetative buds appear
to be smaller, conically shaped, and slightly covered by trichomes. On the other hand, flower buds are
larger with a globe shape and an intense trichome layer [28].
In tropical and subtropical areas with early heat accumulation after dormancy breaking, vegetative
growth begins earlier than in temperate regions [33], and flower budburst occurs rapidly (Figure 2).
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Figure 1. Developmental phases of flower and vegetative buds in peach. (a) The onset of flower 
differentiation; buds are apparent in the leaf axis. (b) Differentiated buds before dormancy. (c) During 
dormancy, flower buds remain closed without any apparent change. (d) At flowering, the petals open 
completely, the stigma is receptive, and the anthers dehisce their pollen. 
 
Figure 2. Shoot and bud development of the peach cultivar “BRS Kampai” in the tropical area Minas 
Gerais State, Brazil. The images correspond to the same shoot on six dates from June to October. 
After fruit ripening, the tree remains in a vegetative state that coincides with the end of the 
summer, lasting up to the beginning of fall. The specific timing of these events depends on the cultivar 
and the environmental conditions (Figure 2). During this period of vegetative activity, the plant 
accumulates reserves to endure the dormancy period and promote the formation of new structures 
over the following growth cycle [22,34–36]. In response to the meteorological conditions of 
temperature and photoperiod reduction, the tree enters dormancy [28,37]. 
In subtropical and tropical conditions, the harvesting period can be advanced to early spring, 
shortening the period between flowering and harvest to 80–90 days [38–40], in contrast to temperate 
regions, where this period lasts more than 90 days [6,22]. The advancement of the flowering season 
[33] and the shortening in the phase between flowering and fruit ripening are accompanied by 
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regions, where this period lasts more than 90 days [6,22]. The advancement of the flowering season [33]
and the shortening in the phase between flowering and fruit ripening are accompanied by changes in
other development processes such as the period of flower bud formation and development [33,41].
3. Flower Induction
Flower induction is the process by which environmental and hormonal stimuli originating outside
the shoot apex induce physiological changes that lead to the initiation of flower primordia and
differentiation [42,43]. The time of floral induction depends on the cultivar and the physiological
condition of the tree which is affected by weather, site conditions, and cultural practices. It may even
vary depending on branch location in the tree [44].
Since the establishment of the hypothesis of the existence of the flower inducing, hormone-like,
molecule called “florigen”, suggested by Chailakhan in 1930 [45], efforts have been made to clarify
the process and factors related to the formation of flower structures and flowering. The process has
been studied in a number of plant species over eight decades [22,23,46–55]. However, considering
its complexity in terms of genetic, hormonal, and environmental interaction, the process is still not
completely understood.
Flower induction is the first event indicating the transition from the vegetative to the reproductive
phase, in which a series of tissue changes takes place [50]. This process occurs with no visible external
indications. When flower induction begins, the process may no longer be reversed, although it may be
harmed when the plant is subject to stress factors [31].
One of the first events that initiate flowering morphogenesis is the perception by the plant
of environmental signals, mainly temperature and photoperiod, which may interrupt vegetative
growth [55–61]. Thus, the development of the blade of the last leaf formed before the perception of
short days may be aborted [23]. In subtropical and tropical regions photoperiod changes are smaller
during the year compared to temperate regions, which may result in changes in the response of this
stimulus perception by fruiting plants [62].
Peach stipules (Figure 3) develop and evolve into scales (cataphylls), which later cover the buds
protecting them during the winter period (Figure 1c). The flower structure formation takes place at the
same time (Figure 2); thus, the future buds are protected from adverse environmental conditions [59].
Abscission of stipules may be considered one of the first visible morphological indications preceding
the flower differentiation process [63].
Agronomy 2020, 10, 428 4 of 20 
 
changes in other development processes such as the period of flower bud formation and development 
[33,41]. 
3. Flower Induction 
Flower induction is the process by which environmental and hormonal stimuli originating 
outside the shoot apex induce physiological changes that lead to the initiation of flower primordia 
and differentiation [42,43]. The time of floral induction depends on the cultivar and the physiological 
condition of the tree which is affected by weather, site conditions, and cultural practices. It may even 
vary depending on branch location in the tree [44]. 
Since the establishment of the hypothesis of the existence of the flower inducing, hormone-like, 
molecule called “florigen”, suggested by Chailakhan in 1930 [45], efforts have been made to clarify 
the process and factors related to the formation of flower structures and flowering. The process has 
been studied in a nu ber of plant species over eight decades [22,23,46–55]. However, considering its 
co plexity in terms of genetic, hormonal, and environmental interaction, the process is still not 
completely understood. 
Flower induction is the first event indicating the transition from the vegetative to the 
reproductive phase, in which a series of tissue changes takes place [50]. This process occurs with no 
visible external indications. When flower induction begins, the process may no longer be reversed, 
although it may be harmed when the plant is subject to stress factors [31]. 
One of the first events that initiate flowering morphogenesis is the perception by the plant of 
environmental signals, mainly temperature and photoperiod, which may interrupt vegetative growth 
[55–61]. Thus, the development of the blade of the last leaf formed before the perception of short days 
may be aborted [23]. In subtropical and tropical regions photoperiod changes are smaller during the 
year compared to temperate regions, which may result in changes in the response of this stimulus 
perception by fruiting plants [62]. 
Peach stipules (Figure 3) develop and evolve into scales (cataphylls), which later cover the buds 
protecting them during the winter period (Figure 1c). The flower structure formation takes place at 
the same time (Figure 2); thus, the future buds are protected from adverse environmental conditions 
[59]. Abscission of stipules may be considered one of the first visible morphological indications 
preceding the flower differentiation process [63]. 
 
Figure 3. Presence of stipules (indicated by arrow) in peach which are modified leaves with a 
protecting function. 
  
Figure 3. Presence of sti les (indicated by arrow) in peach w ich are mo ified leaves with
a protecting function.
Agronomy 2020, 10, 428 5 of 20
In recent years, different genes and other protein complexes have been related to the regulation of
seasonal flowering in Prunus spp. [64–67], although this process is not fully understood. The perception
of the change in the photoperiod occurs through photoreceptor phytochromes (PHYA, PHYB1,
and PHYB2) [65]. They are sensitive to the reduction in photoperiod and, thus, interrupt the vegetative
growth and the synthesis of gibberellins (GAs) which, in turn, is communicated to genes such as LATE
ELONGATED HYPOCOTYL (LHY) and TIMING OF CAB EXPRESSION 1 (TOC1) (downregulation
conditions) for the formation of proteins and genes of the FLOWERING LOCUS T (FT) compound,
which is responsible for flowering [31,68–75]. These processes have been identified in apricot [76].
Some of these homologs (FLORICAULA/LEAFY) have been identified and characterized in peach [77].
The onset of this process, triggered by the photoreceptors and flowering genes present in
the leaves, determines the expression of signals that are sent to the meristems to start tissue
dedifferentiation [78]. Peach trees may be sensitive to photoperiod alteration during the period
before flowering, which gradually triggers the onset of dormancy, showing alterations of more than
42 proteins associated with photoperiod and dormancy [55].
The biochemical signals reach the meristem through the phloem. Therefore, this is a systemic
process with a direct participation of the companion cells connected to the phloem, where the formation
of FT-INTERACTING PROTEIN1 (FTIP1) occurs. This is an essential protein located in the endoplasmic
reticulum, which interacts with FT to assist its transportation from the companion cells of the phloem
to the elements of the sieve plate up to the meristem [31,52,79–85]. The FT protein reaches the meristem
where it interacts with the transcription factor bZIP FD or with other counterparts, inducing the
expression of APETALA1 (AP1) and SUPPRESSOR OF OVEREXPRESSION OF CONSTANS1 (SOC1)
to initiate flower development [86,87]. However, these signals are not yet elucidated for most Prunus
species. Arabidopsis mutants with early flowering and induction through long days have showed
an increased expression of two FT-activating genes, SOC1 and AP1, revealing that both events may be
related to the FT [73,87]. In early peach cultivars under tropical conditions, the smaller photoperiod
alteration and the high temperatures occurring from the beginning of vegetative growth may favor
floral induction [4,6,12].
Flower initiation is characterized by the change in the gene activity revealed by the increase in the
mRNAs production in apical meristems [88], but also by metabolic changes that induce the subsequent
differentiation of the buds [10,49,52]. An example is the increase in the concentrations of gibberellins
(GAs), cytokinin, and auxins [89].
An important factor that seems to directly influence the transition between the phases of flower
initiation and differentiation is the carbon/nitrogen relationship (C/N). When C/N is moderate, the high
flower induction occurs, but if it is low, vegetative growth is promoted [80,90]. An inverse relationship
between vegetative growth and the formation of flower buds has been reported as well as between
vegetative growth and fruit set [14].
Reduction of flower induction, although to a lesser extent, may also occur due to the fact of
an unbalanced or low nutritional status which causes a large reduction in the concentration of
carbohydrates and, therefore, the C/N relationship. Consequently, an imbalance in vegetative growth
may occur affecting the formation of buds [80,90]. An excessive fruit load in the previous season may
affect the C/N relationship, reducing plant reserves, especially in late-ripening cultivars in which the
maturation of fruits coincides with flower induction. It can even cause competition among organs for
carbohydrates, since final fruit growth immediately precedes flower bud initiation, which is a factor
contributing to alternate production in unmanaged fruit trees [91–97].
The embryos of developing fruits stimulate the formation of GAs, which are used in the subsequent
germination process. However, an excessive fruit load may cause a high concentration of this hormone
during the period of flower differentiation for the following cycle, which may cause a reduction in the
number of flower buds [82,93].
An excessive fruit load, especially in early-ripening cultivars or in warmer regions, results in
an earlier harvest in comparison to temperate and cold regions [5,6,31,33]. This early maturation often
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results in a post-harvest imbalance in the tree that leads to the appearance of new vegetative flushes,
which also are affected by high-temperatures and water availability [31]. However, these new flushes
compete with the formation of flower buds, the number of which can be reduced [56,94,98] (Figure 4).
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The presence and activity of leaves is essential for flower induction, since they are responsible for
intercepting and translating the environmental signals, producing and redistributing both assimilates
and the hormones responsible for the flower induction process [80]. On the contrary, w en the activity
of leaves is reduced or an early fall is produced due for example to diseases, this may negatively affect
the formation of flower buds [99,100].
4. Flower Differentiation
After floral induction, the process of floral differentiation starts, showing the first visible
morphological changes [23,65]. This is manifested by changes in the size and shape of the apical
meristem, which takes on a large, low dome shape, since it transitions from a vegetative meristem to
a reproductive meristem. During flower differentiation, it is possible to observe the floral receptacle
inside the flower bud, with all the different whorls differentiated: sepals, petals, stamens and pistil.
Flower differentiation and primordial development occur with well-defined steps in late summer
and autumn under traditional growing conditions in temperate zones, [22] and even under subtropical
climate conditions under differentiated management [42]. However, with the release of new peach
cultivars and the expansion of the crop to new areas, especially those in a tropical climate, the timing of
these steps is shortened due to the more intense heat accumulation which results in the advancement
of floral differentiation [34,101,102].
The vegetative growth interruption before winter dormancy is essential for the survival of
temperate plants during low winter temperatures. This occurs in agreement with the cycle of the
so-called circadian cycle of the plant [60,81,98,103,104]. The growth interruption is initially controlled
by photoperiod with the onset of shorter days, when the length of the day is below the critical limit
adequate for growth [55,104], and is thought to be one of the key factors for the process of floral
differentiation to begin [78].
The flower differentiation process is characterized by morphological changes to the meristem
irreversibly forming a flower [23,42,70,105]. The progress of the flower bud differentiation is similar
for all Prunus species. The flower whorls differentiate during the autumn, and the flower bud enters
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dormancy with its development halted in late autumn or winter [34,101]. In sweet cherry, dormancy
occurred at the same stage of flower development, characterized by the presence of all flower whorls,
with the anthers clearly differentiated in the four locules, and the pistil showing an incipient ovary,
style and stigma [102]. In peach, petals, sepals, corolla and style are also formed at the beginning
of dormancy. After dormancy, the buds swell, burst and flower rapidly. The last structures formed
are the anthers with the pollen grains, and the ovary, which completed its formation shortly before
pre-blossoming [10]. Finally, at flowering, flowers complete their development at anthesis, with the
petals opened completely, the stigma receptive, and the anthers dehiscing their pollen [22,23].
In summary, the differentiation of floral buds in peach is an extremely complex process that involves
genetic, hormonal and environmental interactions, and does not occur in response to a single pathway
but to different stimuli, varying greatly depending on the weather conditions of the areas [32,49,82,106].
5. Endogenous Factors Involved in Flower Morphogenesis
Several endogenous factors are involved in the flowering process, including gene expression
and suppression, hormonal concentration and balance, and concentration and transportation of
carbohydrates [49,70,71,85].
5.1. Genetic Control
More than 70 genes are involved in the flowering process in different plant species, which span
perception of environmental stimuli, morphological changes in meristem tissues, transportation
of carbohydrates, and other functions [107]. A series of proteins and hormones, as well as their
transportation, are also involved in this process [65,66,82,85], as well as a series of free polyamines that
express themselves during floral development in peach [108].
Most of the research related to the identification of genetic and metabolic processes involved in
flowering has been conducted using model species such as Arabidopsis, tomato and rice [78,87].
Although these species present rather distinct characteristics than the perennial fruit species,
some key genes responsible for flowering are preserved in perennial species [31,82,109,110] and more
recently there have been greater efforts to clarify the process in fruit plants, especially in Prunus spp.
and other Rosaceae [52,65,66,77,88,93,111]. Thus, some studies have been reported in almond (P. dulcis),
sweet cherry (P. avium), apricot (P. armeniaca), and peach [66,77,112–114].
The main genes involved in peach flower bud formation are closely linked to so-called MADS-box,
which control the dormancy process in general, and its different phases. This set of genes and their
interactions regulate the dormancy process, which starts with the floral induction [66,77,93,112–116].
It is assumed that flower induction occurs through a biochemical signal [74] related to an increase in
the mRNA production [52,65,117,118]. This has been also described in peach, reporting an intensive
production of mRNA in the apical meristem at the onset of flower initiation. [52,108].
The activation of some genes responsible for the onset of flower development occurs in
response to changing environmental conditions, especially photoperiod and/or temperature [59,75,119],
which condition flowering time in Prunus [120]. These changes activate the FLC genes, or their
homologues depending on the species. In peach, DAM (SVP-like) is expressed under conditions
of gradual temperature reduction during the phase between disruption of vegetative growth and
dormancy [115,121,122]. The remaining question in tropical or even subtropical regions, where it is less
cold and the temperature change is less intense, is whether the signaling and stimulation are strong and
clear enough to activate these genes. If this is not the case, it may be necessary to artificially manipulate
some factors such as photoperiod, temperature or water deficit. There is evidence of activation of these
genes by increasing the concentration of abscisic acid which is formed under stress conditions and can
be accumulated by the isolated or joint action of stress factors [123–125].
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5.2. Role of Phytohormones
Phytohormones perform a wide range of roles in plants, acting in signaling, as regulators,
promoters, etc. They are also involved in the flowering process, although their roles and functions have
not yet been fully clarified, due to their complex functions and interactions. The biochemical signal may
also be the result of a change in balance between the concentrations of gibberellins (GAs), cytokinins and
auxins [89], since gibberellins inhibit the differentiation of flower buds [82]. In addition, phytohormones
interact with the environment, causing diverse combinations and responses. These interactions are
complex and poorly understood in traditional peach growing conditions and can even be more complex
in tropical weather conditions.
5.2.1. Gibberellins
Gibberellins (GAs) are the most influential phytohormones in the flowering process, and, therefore,
are the most studied. GAs act on reproductive development and affect the transition from the juvenile to
the reproductive stage. In addition, they are involved in flower induction and fruiting [85,86,124–129].
However, they are strong inhibitors in the flowering process of fruit trees [82], since they inhibit the
activation of FT compounds [71,129].
One of the key factors for the transition from the vegetative to the reproductive stage is the
interruption of the synthesis of GAs in meristems. For the activation of FT and other genes involved in
the flowering process to occur, the concentration of active GAs in meristems must be low; otherwise,
vegetative growth will not cease, and the flowering process will not begin [130].
The inhibition of flower bud formation is influenced by GAs. Endogenous GAs levels are closely
related to cultivars with vigorous growth. Environmental conditions promoting vigorous vegetative
growth may favor an increase in the concentration of GAs, resulting in inhibition of the formation of
flower buds [52,80,82,101], which is common in the Brazilian subtropical regions.
Applications of GAs have caused inhibition of flower bud differentiation in peach [129] and
other fruit trees [126,131]. The sprays of GAs in peach with the aim of reducing the fruit load of the
plant (alternative thinning) have also reduced the formation of flower buds in the subsequent cycle in
temperate conditions [86,129].
Since excessive vegetative growth in peach inhibits the formation of flower buds, vegetative vigor
can be controlled by the application of growth reducers, or by the use of low vigorous rootstocks in
different species [86,129–138]. In peach, the application of paclobutrazol has resulted in an increase
in the formation of peach flower buds “J.H. Hale” and “Red Skin” in different regions of Iran [135].
Likewise, dwarf rootstocks, which lead to the reduction of the endogenous concentration of GAs and
other hormones, enhancing flower bud formation [134–136], have been used for peach in different
countries [133,135,136,139,140], although their use is still reduced in Brazil.
5.2.2. Cytokinins
Cytokinins appear to be involved in flower induction. However, their role is not as clear as those
of other phytohormones, and there is little information available. Apparently, cytokinin has a greater
effect in the induction or anticipation of the mitotic process of long-day plants, acting in the apical
meristem; whereas, GAs seem to have a more relevant role regarding the regulation of the flowering
process in short-day plants [74,141–146].
Cytokinin applications do not induce flowering itself, although they may be part of flower
initiation. Exogenous applications of cytokinin trigger the activation of mitosis [145,147]. However,
the application of cytokinin in apple for consecutive years induced a reduction in the length of the
branches, increased the proportion of spur branches (<5 cm) and the flowering rate [110]. An increase in
the expression of FT and AFL genes, which are responsible for flowering, was also observed. In addition,
it reduced the expression of TFL1, which is a flower induction inhibitor [110]. One of the major problems
related to the low response of cytokinin applications to induce flowering may be related to the response
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time of the plant. As described in previous studies in Arabidopsis, the response to cytokinin occurs in
the long term with repeated applications throughout the cycle of the plant [14,77,110].
Cytokinin may take part in the regulation of the SOC1 gene [145,147]. When there is an increase in
the FT gene expression in the meristem, there also appears to be an increase of cytokinin and a greater
expression of SOC1 in the meristem [144]. The relationship among the actions of cytokinin on the
FT florigen is not yet clear, although it has been reported that when FT is activated in the leaves, the
cytokinin level is maintained or not increased. However, this is the response obtained in long-day
plants [145,147,148], in which the cytokinin is transported through the phloem to the apical meristem
when flower stimulation occurs [117,148].
5.3. Carbohydrates and Their Interactions with Other Endogenous Factors
One of the remarkable metabolic changes in the transition from the vegetative to the reproductive
stage is the increased concentration of starch in the meristems which occurs mainly due to the high
demand for sucrose during vegetative growth [82,149,150]. Since the interruption of vegetative growth
occurs while leaves are photosynthetically active, there is an increase in the concentration of sucrose in
the meristem [150]. Due to the reduced demand for vegetative growth in this phase, there is a greater
availability of free sucrose. However, in order to avoid waste and maintain reserves, the plant converts
the sucrose into starch, increasing the concentration of carbohydrate reserves in the meristems [58,149].
The starch increase in the meristems during the interruption of growth favors the reduction of the
activity of GAs, which participate in the action of some enzymes responsible for the degradation of
starch such as α-amylase. Since the action of GAs is reduced, a reduced action of α-amylase can also
contribute to an increase in the concentration of starch in the meristem [151].
The vegetative growth interruption and the inhibition of the synthesis of growth promoters occur
in the meristem, which is especially notable in relation to the synthesis of GAs through the inactivation
of GA 20-Oxidase genes [58,60,81,109,119,132,152]. The entire route of GA action during the transition
phase from vegetative growth to the establishment of dormancy has been described in detail [153].
The interruption in the synthesis of GAs and possibly of auxins may be mediated by the change in
the expression of genes PHY, LHY, and LEAFY. Thus, vegetative growth is interrupted, allowing the
expression of CONSTANS (CO) and leading to increase the activity of genes FLOWERING LOCUS T (FT),
SUPRESSOR OF OVEREXPRESSION OF CO1 (SOC1) CO/FT1 and TERMINAL FLOWER 1, 2 (TFL1, 2),
and LEAFY (LFY), which are responsible for the transition to flower initiation [75,81,109,119,153].
In Prunus spp., flower buds are physiologically active during dormancy, with an intense
accumulation of starch in the ovary cells of flower primordia. In sweet cherry, starch accumulates
following the same pattern as chilling accumulation, reaching a maximum at chilling fulfillment.
This starch subsequently vanishes after dormancy break concomitantly with ovary development before
bud burst in the spring [36]. Since starch accumulation in the ovary primordia occurred concomitantly
with chilling accumulation, lack of winter chilling could result in failures in starch accumulation,
as it has been observed in sour cherry twigs grown in controlled temperature chambers [154].
Starch accumulation in the flower primordia during winter dormancy plays a clear role in subsequent
flower development and in the reproductive process in different fruit species such as apricot [155],
avocado [156], and sweet cherry [43].
Peach trees cultivated in warm conditions, such as tropical regions, tend to experience an early
and shorter cycle, with a period of 80–90 days from flowering to ripening, reaching harvest in spring or
early summer. Although apparently this would result in a longer period to accumulate reserves before
dormancy, in tropical conditions of high temperatures, long days and availability of water, multiple
vegetative growth flushes occur (see Section 3, Figure 4). Therefore, in these conditions there is no
interruption of the factors responsible for the paralysis of vegetative growth (see Section 3), which can
cause a reduction in the content of reserves to maintain metabolism during floral tissue formation
and dormancy.
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6. Exogenous Factors Affecting Flower Morphogenesis
Throughout the flower bud lifespan, different external factors may affect flower morphogenesis.
These may occur during flower induction, early flower differentiation or the late development of the
flower buds in the days before flowering.
6.1. Techniques for Controlling Tree Growth
Excessive vegetative growth compromises the development of other organs including flower
buds [157–159]. Under environmental conditions that favor greater growth, such as in subtropical and
tropical regions, it is necessary to use techniques to assist in the management of canopies to balance
growth and the formation of reproductive structures [83,159]. This type of management represents one
of the main costs in some fruit crops [56].
Several methods have been used for tree growth control including dwarfing rootstocks or winter
and summer pruning [159]. However, the use of these techniques must be well planned so not to
produce undesirable effects. If they are performed in an unbalanced manner, they will negatively
influence fruit production and may even to cause a reduction in the formation of flower buds and
imbalance in the photosynthetic capacity of the tree [160].
Although the use of pruning for growth control is efficient, it can be expensive, so other options for
controlling growth have been sought. Thus, growth regulation through the use of chemical products
has been widely employed, such as chlormequat chloride, daminozide, ethephon, paclobutrazol,
prohexadione-calcium, and trinexapac-ethyl [158,159,161,162]. Most of them act as inhibitors to the
synthesis of GAs, and some induce the formation of ethylene [159,161]. One of these compounds,
ethephon, when applied to the branches and other plant tissues reduces the level of auxins in the
branch apical meristems, thereby reducing growth [159,163].
Gibberellins inhibitors, such as paclobutrazol, prohexadione-calcium, and trinexapac-ethyl, act on
different stages of GA biosynthesis, avoiding the formation of more active GAs. Chlormequat chloride
blocks the action of key enzymes that start the synthesis of GAs. In Brazil the only compounds
registered for use in fruit trees are prohexadione-calcium and paclobutrazol [159]. Active GAs are
responsible for the extension and growth of branches. The immediate precursor to active GAs is GA20,
which is biologically inactive. However, through the action of enzyme GA20-3, GA20 is converted
to the more active form GA1 [159]. Prohexadione–calcium was developed for controlling vegetative
growth [164,165]. It acts on the enzyme GA20-3, reducing the formation of GA1, and has been widely
used for vegetative growth control in apple and pear due to the fact of its low toxicity and limited
persistence with a low risk to the consumer and environment. However, it has a short duration of
activity and more than one application is often necessary [56,159,163–166].
Paclobutrazol inhibits the biosynthesis of GAs, interfering during the initial stages of the kaurene
oxidation route, preventing the formation of ent-kaurenol, ent-kaurenal, and ent-kaurenoic acid, and
preventing the formation of active GAs [56,161]. It has been widely used to induce flowering in mango
and olive, among others, both with leaf and soil application, and the latter is considered to be the most
efficient method [56,161,162] but requires a great amount of care due to the fact of its high persistency
that requires constant dose adjustment due to the residual effect [161,162].
Trinexapac-ethyl significantly reduces the concentration of active GA1, inhibiting the action of the
3b-hidroxilase enzyme, and increasing the GA20 biosynthesis precursor [167]. Although it has been
used to control the growth of wheat, sugarcane, and other grasses, its use in fruit crops is still limited,
and further studies on its effects are necessary [163].
Even with the wide use of these phytoregulators to control plant growth in fruit trees, such as apple
and mango, further information is necessary to determine their effects on other species, especially in
peach cultivation in tropical conditions, where different problems related to plant growth interruption
have been encountered. Likewise, the establishment of more responsive doses and the determination
of adequate time of application under different conditions are needed.
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6.2. Environmental Factors
Control of flowering is highly conditioned by the environment and its
variability [23,31,53,79,83,105,168,169]. Any disturbances or stresses occurring during the flower
induction period may have subsequent consequences in the initiation and differentiation of buds,
for instance, reducing the number of flowers per node after a warm and dry summer [170].
High temperatures can also cause an adverse effect creating anomalies in the formation of
buds [9,14,15]. The exposure of plants for certain periods to milder temperatures, usually below
18–20 ◦C/15–12 ◦C day/night, is essential to interrupt plant growth and for flower induction and
dormancy progression [57,171]. The exposure of these temperature regimens facilitates to interrupt the
synthesis of GAs in meristems in addition to making them more sensitive to compounds that promote
flowering [171].
Temperature affects most biochemical and metabolic processes. Usually, temperatures slightly
over 25 ◦C tend to accelerate the metabolism and the differentiation of buds. However, temperatures
between 30 and 35 ◦C can interrupt the formation of buds, or even cause bud abortion [169,172].
The differentiation of cherry flower buds is slightly accelerated when grown in warmer and more
humid areas [105]. Knowing the relationship between temperature and flower differentiation is key for
the development of cultivation practices that reduce the temperature during this developmental stage.
The use of irrigation or screens may soften damage caused by high temperatures [15,100].
Growth interruption of some peach tree cultivars was observed when maintained for a certain
period at temperatures above 25 ◦C. When the exposure time was long, flower buds were aborted
during the differentiation process, creating blind nodes [12]. Similar situations may be common in
tropical regions, where trees are usually subject to temperatures above 30 ◦C in this phase, often
showing the formation of blind nodes (Figure 5) [15].
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In most fruit tree species, high temperatures cause an increase in the respiratory and transpiration
rates, inhibit photosynthesis and cause intensive energy expenditure [14]. In peach, temperatures
equal to or higher than 31 ◦C during the first two weeks of summer have negative effects on fruit
production [173]. High temperatures during the night increase the respiratory rate, causing a reduction
in the energy available for some metabolic processes such as the formation of flower buds [14,172].
In sweet cherry temperatures over 30 ◦C during flower differentiation caused anomalies resulting in the
formation of double pistils [169]. In apricot, the shade caused by the canopy may cause disorders in the
induction and differentiation of buds, influencing the final number of buds or even the fruit production
the next season [174]. An increase in pre-blossom temperatures accelerated flower bud development
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in apricot, caused a hastening in flowering time and reduced fruit set. The flowers exposed to warmer
conditions weighed less and showed less development of the pistil than control flowers [120].
Although other species of the Rosaceae family are insensitive to photoperiod, Prunus spp. can
be affected by photoperiod and temperature, indicating that changes in these environmental signals
may induce the change from the vegetative to the reproductive phase [57]. Water availability may
be another limiting factor for the formation of buds, since this phase generally coincides with high
temperatures, and a water deficit when the tree has the largest possible leaf area can cause rapid
dehydration of the buds [98,175].
In conditions of low humidity, the tree tends to increase the stomatal closure to reduce water
loss by evapotranspiration. Depending on the intensity of water stress, the stomatal closure may be
complete causing a drastic reduction in the photosynthetic activity affecting plant growth and is one
of the first processes to be interrupted [56,94,175]. In these conditions, the respiration of the plant
increases, which causes a high energy expenditure, and if that occurs in the flower differentiation
phase, it can cause a severe reduction of the reserves available for buds which can abort [98,175].
In almond, a reduction in the density of buds was observed in warmer and drier areas [170]. On the
other hand, though water availability and warm temperatures facilitate plant growth, they can impair
flower induction [175].
Controlled water stress conditions have been used to promote flower induction in fruit trees such
as mango and citrus in tropical regions without a significant reduction of flower induction [174,175].
This technique interrupts the growth of the tree, leading to an inhibition in the biosynthesis of GAs and
makes meristems more sensitive to the action of flowering promoters. However, no in-depth knowledge
is available regarding its use in temperate plants, such as peach, for the flower bud formation process.
Although this technique can be very useful in peach in tropical areas, there is no information on its use
in temperate fruit species.
7. Conclusions
The process of flower bud formation in peach differs among areas depending on the climatic
conditions. Although the main steps of flower development are maintained, the timing in which
each one occurs is different and some processes can be altered under low winter chilling conditions
with a significant impact on crop management and fruit production. Further studies on flower bud
induction and differentiation under warmer conditions are fundamental for addressing the problems
in peach production in different future scenarios: a) the declining of winter chilling caused by climate
change in many regions; and b) the interest in expanding peach cultivation to tropical and subtropical
areas to obtain earlier fruit and lengthen the harvest period. Promising results in peach production
have already been obtained under warmer conditions. However, there are still a number of problems
that must be solved, mainly those associated with alterations during the process of flower induction
and flower differentiation, which can result in a decrease in the number of flower buds and negatively
impact the harvest of the next season. In the next few years, horticulturalists and scientists have to face
several challenges, mainly how high temperatures affect the expression of the main genes regulating
flower formation and how to improve crop management in these conditions.
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